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Abstract
Contemporary human populations conform to ecogeographic predictions that animals will
become more compact in cooler climates and less compact in warmer ones. However, it re-
mains unclear to what extent this pattern reflects plastic responses to current environments
or genetic differences among populations. Analyzing anthropometric surveys of 232,684
children and adults from across 80 ethnolinguistic groups in sub-Saharan Africa, Asia and
the Americas, we confirm that body surface-to-volume correlates with contemporary tem-
perature at magnitudes found in more latitudinally diverse samples (Adj. R2 = 0.14-0.28).
However, far more variation in body surface-to-volume is attributable to genetic population
structure (Adj. R2 = 0.50-0.74). Moreover, genetic population structure accounts for nearly
all of the observed relationship between contemporary temperature and body surface-to-
volume among children and adults. Indeed, after controlling for population structure, con-
temporary temperature accounts for no more than 4% of the variance in body form in these
groups. This effect of genetic affinity on body form is also independent of other ecological
variables, such as dominant mode of subsistence and household wealth per capita. These
findings suggest that the observed fit of human body surface-to-volume with current climate
in this sample reflects relatively large effects of existing genetic population structure of con-
temporary humans compared to plastic response to current environments.
Introduction
Bergmann’s and Allen's rules are perhaps the best-known of all ecogeographical principles.
They propose that animal body forms adapt to local climates so that cold-adapted populations
tend to have more compact bodies and shorter limbs that reduce the ratio of surface area to
heat-producing mass or volume. Conversely, heat-adapted populations tend to have less com-
pact frames and longer limbs that improve the capacity for dissipating heat. While differing in
focus—on body size and limb proportions, respectively—both rules hinge on a deeper ecogeo-
graphic prediction that an organism's surface area to volume will increase in warmer climates
and decrease in cooler climates. Numerous studies have shown this general pattern to hold in
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humans, with populations living in the tropics having less compact frames and those in colder
climates having more compact builds [1–12]. This is also consistent with experimental evi-
dence that taller and thinner human bodies are better at dissipating heat [13, 14].
Though ecogeographic predictions have been confirmed many times in humans, the proxi-
mate pathways driving the implied adaptive fit in humans and other animals are poorly under-
stood [1, 13–15]. Contemporary variation in body form can arise from genetic differences
across human populations that have arisen through a variety of processes, including natural se-
lection (either stabilizing or directional), gene flow, genetic drift, and mutation. For example, if
there has been a long-term correlation between a population's past and current climates and
natural selection has also favored genetic adaptations for body form that regulate heat loss and
conservation, then we would expect to see some fit between contemporary climate and body
form. It is also possible that an observed fit could arise due to patterns of migration and gene
flow that are correlated with geography and climate [16, 17].
Contemporary variation in body form can also arise from plastic responses to current envi-
ronments. For example, moderate and chronic undernutrition—more common in warmer
tropical areas—can produce thinner adult bodies [13, 18–20]. Human bodies are also proposed
to respond over the course of development to thermic stress in a way that fits the local environ-
ment [1, 14]. These arguments are consistent with findings from other animals. For example,
experimentally increasing ambient temperature leads to increased long bone growth in mice
[21]. Similarly, a longitudinal study of body mass among red-billed gulls showed that the mean
population body size declined over 47 years of increasing temperatures, but there was no evi-
dence that this was due to directional genetic selection, suggesting a plastic response to climate
change [22]. Recent evidence from human populations constrains the timing of these plastic
responses by showing that population variation in body build among humans emerges in in-
fancy and early childhood. This suggests that observed climate-related differences in human
body form likely arise in utero or very early in development [10, 11].
To the degree that plastic responses to the current environments are responsible for some of
the observed fit between climate and human body form, we would expect that two groups with
close genetic affinity but living in different climatic conditions should exhibit different body
forms that reflect these differing climatic conditions. Specifically, the body shapes of people liv-
ing in a warmer climate should exhibit greater average surface area to volume than the average
body shapes of genetically similar people living in a cooler climate. On the other hand, if most
of the differences in body form are due to genetic differences, then we would expect: (1) that
when comparing groups with similar genotypes, there should be little or no additional effect of
contemporary climate on body form, and (2) that groups with similar genotypes should have
more similar body forms.
Our goal here is to assess the degree to which the contemporary fit between human body
form and climate can be attributed to plastic responses to current conditions independent of the
genetic affinity among populations. To do this, we integrate anthropometric, genetic, and cli-
matic data from 80 ethnolinguistic populations in Africa, Asia, and the Americas. To assess the
relative compactness of human bodies, we use standard measures of weight relative to height in
humans—body mass index (BMI) for adults and weight-for-height for children—that have been
used in prior studies of ecogeographical rules in humans [1–3, 10, 11]. Widespread increases in
adiposity are a very recent but globalizing phenomenon that mask underlying variation in body
form, making unadjusted body form a noted limitation of prior studies of ecogeographical rules
[2, 23]. To deal with this issue, we apply the novel concepts of basal body mass index for adults
and basal weight-for-height in children as comparative population measures of body mass rela-
tive to height that largely removes the effects of recent nutrition transitions [11, 24]. Prior re-
search has shown that there is a lower limit to the mean BMI of populations surviving with
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extremely scarce resources [24], and basal body mass index (or basal weight-for-height) is de-
fined as the mean body mass index (or weight-for-height) of populations without sufficient re-
sources to accrue additional mass. These estimates of basal body mass have been shown to be
independent of country-level wealth and fat-linked disease prevalence [24].
For a measure of genetic affinity between populations, we use estimated proportion of an-
cestry from 14 genetic clusters identified by Tishkoff et al. [25]. A number of models of human
genetic population structure have been proposed [26, 27]. We use Tishkoff's 14 cluster model
for two reasons: (1) it contains publicly available estimates that can be linked to a large number
of ethnic groups in existing Demographic and Health Surveys, and (2) the estimates are suffi-
cient to account for a very large portion of variation in human body form as will be
shown later.
For measures of heat and cold stress, we use three measures of mean, minimum, and maxi-
mum local temperature from ecological databases. The systematic anthropometric data from
Demographic and Health Surveys is a strength of the study, but it also limits the sample to
tropical- and subtropical-dwelling humans and thus excludes populations living in colder tem-
perate regions. This restricted sample still shows ecogeographical associations of similar mag-
nitudes to those observed in studies including populations from colder climates. However,
given that two different adaptive processes may influence body build—adaptations to heat
stress and adaptations to cold stress—the current findings are limited to theories based on ad-
aptations to heat stress.
In this paper, we combine these estimates of genetic affinity, basal BMI and weight-for-
height, and local climate, as well as environmental variables from 80 contemporary populations
in Africa, southern Asia, and the Americas, to assess if current fit between climate and body
form in tropical and subtropical-dwelling human groups is best explained as plastic responses
to current conditions, a reflection of existing genetic diversity, or combinations of these.
Materials and Methods
Sample inclusions and data sources
Data on height and weight, household wealth, age, education and rural-urban residence were
available for populations from nationally representative, repeated cross-sectional household
Demographic and Health Surveys (DHS) datasets in 64 countries, standardized to permit
cross-country comparisons [28] (available at measuredhs.com). DHS surveys conducted be-
tween 1991 and 2011 were included. To minimize wealth effects, we also restricted our analysis
to individual households with estimated wealth less than 4000 USD per capita (2011 interna-
tional units, purchasing power parity). For each country, there were between one and five sur-
veys conducted in different years. Detailed protocols for DHS surveys as well as survey data are
available at measuredhs.com.
For genetic population structure, we use estimates from Tishkoff et al. [25]. We analyzed 80
unique populations reported by Tishkoff et al. with comparable populations measured by the
DHS. In addition to 18 populations from South Asia and 58 populations from Africa, genetics
and anthropometric data exist for two populations from the Americas (Guatemala and Colom-
bia) and two from southeast Asia (Cambodia and Timor L'Este) [25]. Although there are other
models of human population structure [26, 27], the Tishkoff et al. paper provides readily avail-
able estimates of genetic affinity. We will also show that despite potential errors introduced by
this model, the estimates still provide very good fit to morphological data.
For estimates of basal BMI in women, we excluded pregnant women as well as women with
more than primary education, and include a dummy variable controlling for urban residence
[24]. To control for lactation, we also include a dummy variable for whether women were
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currently breastfeeding on the day of the interview. For men, we excluded individuals with
more than primary education and include a dummy variable controlling for urban residence.
For children, we included most recently born living children (ages 0 to 59 months) of women
ages 20–49 who have no more than primary education [11]. We also include a control for
urban residence.
The anthropometric (Demographic and Health Surveys), economic (World Bank Indica-
tors), genetic (supplementary materials in Tishkoff et al.), and climatic data (WorldClim) are
all publicly available. The study was approved by Arizona State University's Office of Research
Integrity and Assurance IRB (Protocol #1302008836).
Variables
Body Mass Index. In each of the country samples, height and weight measures were taken
by trained technicians. BMI was calculated as weight (kg)/height (m)2 and weight-for-height
was calculated as weight (kg)/height (m). We analyzed data on BMI for young adults (20–34
years) and weight divided by height for children (0–59 months). These measures are highly
correlated (R2> 0.90) with body surface-area-to-volume estimates in both adult [29] and child
[30] samples.
Household wealth per capita. We use estimates of household wealth that integrate infor-
mation about: (1) relative household wealth in a country in each survey year, (2) the wealth
Gini coefficient approximating the percentage of total country wealth owned by each house-
hold based on its relative rank in wealth [31], and (3) country-level wealth in the survey year
approximated from country-level gross domestic product [24, 32]. This procedure provided a
measure of household wealth in terms of internationally and inter-temporally comparable
units—purchasing power parity in constant 2011 international units [24]. We use the loga-
rithm of this wealth measure as the key predictor for partialling out effects of wealth, as body
mass has been shown to scale logarithmically with wealth in prior analyses [24].
Ethnolinguistic populations. Ethnolinguistic populations were defined by respondent's
ethnicity or language as recorded in the Demographic and Health Survey. We focus on those
ethnolinguistic populations in Africa, southern Asia and the Americas analyzed by Tishkoff
et al. (2009) where the DHS surveys include relevant data (S1 Fig. and S1 Table). We matched
groups from Tishkoff et al. with ethnolinguistic designations in the DHS surveys based on
common ethnic identification and native language (S1 Table). For Hausa, Fulani, and Maasai
groups that show considerable geographic spread, we matched those DHS data by country and
region to three Fulani groups, two Hausa groups, and two Maasai groups in Tishkoff et al.'s
sample (S1 Table).
Genetic affinity. Using 121 African and 60 non-African ethnolinguistic populations,
Tishkoff et al. inferred 14 ancestral population clusters using 1327 nuclear microsatellite and
insertion/deletion markers. Tishkoff et al. labeled these clusters in terms of related regional and
linguistic groupings [25]. Nine of the clusters were associated with groups in sub-saharan Af-
rica (labeled Fulani, Nilo-Saharan, Chadic, S. African Khoesan, Niger-Kordofan, Cushitic,
Hadza, Sandawe, W. Pygmy), three were from Eurasia (East Asia, India, European), one was
associated with Oceania (Oceania) and one with the Americas (Native American). For each
modern ethnolinguistic population, Tishkoff et al. also estimated the proportion of genetic an-
cestry from each of these 14 inferred ancestral clusters. These 14 clusters do not necessarily re-
flect bounded historical populations, but they do provide a straightforward tool for estimating
the genetic affinity of current ethnolinguistic groups. Specifically, two ethnolinguistic groups
that have on average more similar proportion of estimated ancestry from these 14 clusters are
also more likely to have closer genetic affinity. Here, we focus on the proportion of genetic
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ancestry from the thirteen clusters for which at least one of the ethnolinguistic groups available
in the DHS datasets had at least 10% inferred ancestry from that cluster. These thirteen
clusters include Fulani, Nilo-Saharan, Chadic, S. African Khoesan, Niger-Kordofan, Cushitic,
W. Pygmy, Sandawe, Oceania, East Asia, India, European, and Native American. This excludes
the Hadza subcluster.
Latitude and longitude. The latitude and longitude for each ethnolinguistic unit was iden-
tified as the value at the sampling longitude and latitude from Tishkoff et al. [25].
Local climate. The following climatic variables were extracted from the WorldClim global
climate database of average values between 1950–2000—mean annual temperature, minimum
temperature of coldest month, and maximum temperature of warmest month [33]. The value
for each ethnolinguistic unit was identified as the value at the sampling longitude and latitude
from Tishkoff et al. [25].
Operationalizing basal BMI and basal weight-for-height. We operationalize population
basal BMI as the expected body mass index of an adult with insufficient resources to accrue ex-
cess body mass. Body mass index is often used as a measure of obesity or excess body fat. How-
ever, human populations can also differ substantially in the quantity of fat free mass per unit
height. Thus, at low levels of body fat, body mass index is also a measure of lean compactness
or stockiness. Studies that have measured fat and lean mass using x-ray methods in select pop-
ulations have demonstrated that population variation in compactness is primarily variation in
lean mass [34, 35].
There are several environmental factors that can lead to increasing fat mass and thus bias
BMI (or weight-for-height among children) as a measure of underlying body compactness [2,
5]. To assess a population's basal BMI, we estimate the BMI of a young adult (ages 20–34) re-
moving the effects of key contemporary environmental variables known to influence BMI, in-
cluding household wealth, urban residence, and educational attainment [24, 36]. When applied
to populations in low and middle income countries, this method produces reliable estimates of
population differences consistent with direct measures of lean body composition, which is in-
dependent from country-level wealth and the prevalence of fat-linked disease [24].
As in prior validated work, we estimate population basal BMI of an ethnolinguistic group as
the expected BMI of young adults with little education (primary education or less) living in
rural households with very little household wealth (cash equivalent of 300 USD per capita in
constant 2011 PPP international units). We focus on young adults (ages 20–34 years) who
have presumably reached full height, but have not yet been able to store much excess fat [24].
Among women, we exclude pregnant individuals and adjust for current lactation. Basal BMI is
formally estimated with a mixed model predicting BMI with the following fixed effects: log
(wealth), age in years, breastfeeding status, rural residence, and an interaction between log
(wealth) and age. We include ethnolinguistic group as a random effect. Our estimate of basal
BMI for an ethnolinguistic group is the empirical best linear unbiased predictor (EBLUP) for
that group [24]. Our approach here is identical to that described in earlier work, except for
three modifications [24]. First, it uses improved wealth measures that are in 2011 PPP interna-
tional units [32]. Second, it includes 20-34-year-olds as well as urban populations to ensure suf-
ficiently large samples for each ethnic group. Finally, it uses ethnolinguistic unit rather than
country as a random effect to capture between-group variation in basal body mass index.
We use a similar approach to estimate basal weight for height (bWH) among children (0–60
months) [11]. Basal weight-for-height is formally estimated with a mixed model predicting
weight-for-height with the following fixed effects: log(wealth), age in months, rural residence,
and an interaction between log(wealth) and age. Due to non-linear relationships between age
andWH in children, we include age in months as a categorical variable with 24 months as the
reference category. We include ethnolinguistic group as a random effect and use the empirical
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best linear unbiased predictor (EBLUP) for each ethnolinguistic group as the estimate of
basal WH [24].
Analysis: Assessing effect of climate on body form after controlling for
genetic similarity
We assessed the effects of climatic variation and genetic affinity on population variation in
bBMI and bWH across ethnolinguistic groups in each of four demographic categories (male
children, female children, male adults, female adults). For the crude effect of climatic variation
we regressed population bBMI and bWH on the three climatic variables using OLS regression.
Due to collinearity between these three climatic variables, we considered each climatic variable
in an independent regression.
To assess the potential effect of genetic affinity on bBMI and bWH, we fit OLS regressions
predicting bBMI and bWH from the proportion of an ethnolinguistic group's genetic ancestry
derived from each of 13 genetic clusters identified by Tishkoff et al.—Fulani, Nilo-Saharan,
Chadic, S. African Khoesan, Sandawe, Niger-Kordofan, Cushitic, West Pygmy, East Asia,
India, Oceania, and Native American. For example, Kikuyu were estimated by Tishkoff et al.
to have 43% ancestry from the Niger-Kordofan cluster, 36% from Cushitic, 8% from Nilo-
Saharan, 6% from Sandawe, and 1% or less from each of the other clusters. We fit a regression
including each of these cluster percentages as an independent variable. Since the percentage of
genetic ancestry from these 13 genetic clusters adds to 100% in each ethnolinguistic group, we
regressed bBMI and bWH on percentage of ancestry from twelve of the genetic clusters (e.g.,
12 variables), excluding the proportion of Niger-Kordofan ancestry for use as a reference cate-
gory. We use Niger-Kordofan ancestry as the reference category given that it represents the
component with the largest share of ancestry in this sample of ethnolinguistic groups.
The regression model for bBMI without other covariates would be:




Here βi is the regression coefficient for cluster i, and Xij is the proportion of ancestry of ethno-
linguistic group j from cluster i. Based on this, the regression intercept β0 is the bBMI estimate
for an idealized individual of 100% ancestry from the Niger-Kordofan component. By similar
logic, the parameter estimate for Fulani genetic ancestry is the degree to which a hypothetical
individual of 100% ancestry from the Fulani cluster diverges from the reference Niger-
Kordofan value.
For each ethnolinguistic group, we refer to the predicted values of bBMI and bWH from
this regression model as genetic affinity-predicted bBMI and affinity-predicted bWH. We use
these genetic affinity-predicted values for mediation analyses (described later) examining how
body form predicted from genetic affinity accounts for the observed relationship between con-
temporary temperature and current body compactness.
As stated earlier, if ecogeographical associations arise in part from plastic responses to con-
temporary climate, then we expect that genetically similar groups living in different contempo-
rary climates should show body form differences consistent with ecogeographical rules. On the
other hand, if ecogeographical associations largely reflect genetic population structure, arising
from past processes of selection, drift, or gene flow, then we should see little difference in body
forms between genetically similar groups that are living in different contemporary climates. To
assess these hypotheses, we compare the following models, (1) temperature alone, (2) genetic
affinity alone, (3) temperature and genetic affinity together. There were 12 temperature alone
models (body mass outcome for each of 4 age/gender groups x 3 temperature variables). There
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were 4 models for genetic affinity alone (one for the body mass outcome for each of 4 age/
gender groups). Just as there were 12 temperature alone models, there were also 12 temperature
and genetic affinity models. We use two assessments of fit, both of which penalize for adding
parameters to the model—Adjusted R2 and the Akaike Information Criteria (AIC).
To assess how much of the effect of climatic variables on body form is accounted for by
affinity-predicted body mass, we use a bootstrap mediation analysis. While model comparison
using AIC allows us to select models with minimal complexity that best fit the data, mediation
analysis gives information about how the addition of one variable to a model reduces the effect
of another variable. In this case, the mediation analysis identifies how much of the raw effect of
temperature on body form is reduced when including genetic affinity-predicted body form as a
covariate [37]. In this way, it gives the direct effect of climatic variables as well as the portion of
this effect accounted for by genetic affinity [37]. Due to the small number of cases (n = 20) for
male adults relative to the number of genetic ancestry variables (k = 12), we use the affinity-
predicted value of bBMI from females in the mediation analyses for adult males. All analyses
were conducted in SPSS 22.0 [38].
One concern when comparing populations with varying degrees of genetic relatedness is the
problem of non-independent observations. Given that a phylogenetic tree does not exist for
these populations, it is not feasible to use phylogenetic methods to adjust inferences [39]. In-
stead, we used the variables capturing genetic affinity among groups—Tishkoff's cluster mem-
bership variables—to assess to what degree the effect of climatic variables can be accounted for
by genetic affinity among groups.
A number of processes, including selection and neutral processes such as gene flow, genetic
drift, and mutation, could lead to genetic variation in body form [16]. Selection for adaptive
body forms may create the current fit with ecogeographic predictions. However, a fit between
body form and climate might also arise from neutral processes of migration that are correlated
with climate and geography. We assess the degree to which current variation may have arisen
from neutral processes as follows. The expansion of our species out of the African continent
has created a global pattern of neutral variation in both genetic variants and morphological
traits [16, 17]. To assess the degree to which the observed variation in body form can be attrib-
uted to this expansion out of Africa, we use the approach laid out by Betti et al. that examines
the degree to which within-population variation in body form declines with distance from Cen-
tral Africa [16]. We do this by including the distance between an ethnolinguistic group's cur-
rent location and Central Africa in an OLS regression predicting within-population variance in
basal body mass (bBMI and bWH). Following Betti et al., we calculate the Haversine distance
between Central Africa (8S, 25E) and the location of each ethnic group, using Sinai Peninsula
(30.07N, 33.7E) as the waypoint out of Africa, Bering Strait (65.78N, 169.97W) as the waypoint
to the Americas, Panama (13.5N, 86.2W) as the route to South America, and Thailand
(16.13N, 98.35E) as the route to Oceania.
Results
Sample characteristics
There were 80 ethnolinguistic groups identified in Demographic and Health Survey datasets
available from MEASURE DHS with information on genetic ancestry from Tishkoff et al. [25].
A total of 52886 female and 55605 male children (0 to 60 months) and 107296 women (20 to
34 years) from these 80 linguistic groups were analyzed. Data were limited to 20 ethnolinguistic
groups for men (n = 16897, 20 to 34 years). Samples ranged from 3 to 8898 in female children,
1 to 9782 in male children, 6 to 19812 in women and 2 to 5587 in men (S1 Table).
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Associations across gender and age group
Basal WH estimates were highly correlated between boys and girls (R2 = 0.86, n = 80,
p< 0.001). Across the 20 ethnic groups with data for men and women, estimates of bBMI were
also correlated across sexes (R2 = 0.80, n = 20, p< 0.01). The correlation between child bWH
and adult bBMI was high for females (R2 = 0.70, n = 80, p< 0.001) and moderate for males
(R2 = 0.59, n = 20, p< 0.01). The moderate to strong relationship between adult bBMI and
child bWH, especially among females, confirm earlier findings that a large portion of cross-
population differences in body form arise very early in development [11].
Regional variation in bBMI
The average adult bBMI varied substantially across major world regions and was consistent
with prior estimates of bBMI conducted at the country level [24] (Table 1). These regional esti-
mates are also highly correlated between boys and girls, and between women and children, al-
though the sample size is small (R2 = 0.80–0.99, n = 4).
Ethnolinguistic variation in bBMI
In addition to these reliable macro-regional differences, there is considerable variation across
the 80 ethnolinguistic groups within both Africa and South Asia. The Nuer, a population com-
monly used to exemplify slender body builds in anthropological textbooks, had the lowest esti-
mated value for women (bBMI = 18.4) and men (bBMI = 18.5), and one of the lowest for
children (average bWH = 12.1) in the African sample. These values are 4.8–5.2 kg/m2 lower
than female bBMI and 1.3–1.5 kg/m lower than the average child bWH found in the Bamoun
andWimbum groups in central Cameroon, which have the highest values in the African sam-
ple. The differences across South Asian samples were also substantial. Groups from northern
India, such as Punjab, Kashmiri, Pathan, and Balochi, had body masses much greater than pop-
ulations from other parts of South Asia (bBMI = 19.7 to 23.4 for women, bBMI = 19.4 to 20.0
for men, average bWH = 12.0 to 12.6 kg/m). The South Asian group with the highest basal
body mass (Brahui female bBMI = 23.4 and average bWH = 12.6) was 5.5 kg/m2 higher in
adults and 1.1 kg/m higher in children than Gujarat populations from midwestern India (Guja-
rat female bBMI = 17.9 and average bWH = 11.5), which had some of the lowest values in the
South Asian populations.
Associations with temperature
Both maximum temperature in the hottest month and mean annual temperature were moder-
ately correlated with bBMI in adults and bWH in children (Adj. R2 = 0.14–0.28, Table 2).
There was no relationship between body build and minimum temperature of the coolest
Table 1. Average adult basal BMI (kg/m2) and child basal WH (kg/m) by major world region.
Adults Children
Female bBMI Male bBMI Female bWH Male bWH
South Asia 19.5 (1.8, 18) 19.0 (0.5, 14) 11.1 (0.4,18) 11.7 (0.4,18)
Southeast Asia 20.0 (0.4, 2) 11.9 (0.0,2) 12.3 (0.0,2)
Sub-Saharan Africa 21.3 (1.0, 58) 20.2 (1.2, 6) 12.5 (0.4,58) 12.9 (0.4,58)
Americas 23.7 (0.9,2) 12.8 (0.2,2) 13.2 (0.2,2)
Numbers in parentheses are standard deviation and number of ethnolinguistic groups.
doi:10.1371/journal.pone.0122301.t001
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month (Adj. R2< 0.01 for all four samples, p> 0.10). The lack of association with cold stress
in this sample may result from the sample's restriction to tropical and subtropical populations.
However, it is also consistent with past results from samples drawn from a much wider range
of latitudes [40]. Fig. 1a shows the relationship between maximum temperature of the hottest
month and female bBMI among 80 ethnolinguistic groups (see S2 Table for the same results
for child bWH).
Controlling for Genetic Affinity
When we regress female bBMI on the twelve variables indicating percentage of ancestry from
the twelve inferred genetic clusters identified by Tishkoff et al. [25], we achieve a much better
prediction of bBMI than the temperature-based model (Adj. R2 = 0.74, n = 80, p< 0.001) with
a substantial improvement in model fit (AICc = 155.2 compared to 275.2 for best-fitting model
based on maximum temperature). This is also true for the other two large child samples (male
child Adj. R2 = 0.50, female child Adj. R2 = 0.58, n = 80, p< 0.001) with comparable improve-
ments in model fit (AICc = 48.1 and 58.5 compared to 106.6 and 109.1 for best-fitting model
based on maximum temperature). Because the adult male sample was not sufficiently large
to run the full regression with 12 parameters, we predicted adult male bBMI from affinity-
predicted bBMI from the full adult female sample. Again we find substantial model improve-
ment over the temperature-based model (AICc = 40.9 compared to 55.5 for the best-fitting
model based on maximum temperature). Adding temperature to the genetic affinity model did
Table 2. Coefficient of determination (Adjusted R2) of models predicting basal bodymass based on climatic variables and genetic affinity (n = 80
for all except adult male populations, n = 20).
Adults Children
Model Female bBMI Male bBMI Female bWH Male bWH
1. Maximum temp. 0.21 0.22 0.28 0.25
2. Mean temp. 0.14 0.21 0.18 0.14
3. Minimum temp. 0.00 0.00 0.00 0.00
4. Genetic Affinity 0.74 0.60a 0.58 0.50
5. Affinity+Max temp. 0.77 0.62a 0.62 0.54
a Model based on affinity-predicted bBMI from full adult female sample due to small sample size in adult males.
All effects statistically significant at alpha = 0.05 level, except for associations with minimum temperature
doi:10.1371/journal.pone.0122301.t002
Fig 1. Relationship between basal Body Mass Index among adult females and (a) maximum
temperature of hottest month, (b) genetic affinity-predicted values.
doi:10.1371/journal.pone.0122301.g001
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slightly improve fit among women and girls (AICc = 149.9 vs. 155.2, 46.3 vs. 48.1) but not boys
or men (AICc = 59.1 vs. 58.5, 40.9 vs. 40.9).
The affinity-predicted values of bBMI and bWH for each ethnolinguistic group are strongly
correlated across the three full samples—adult females, female children, and male children
(R2 = 0.88 to 0.97, n = 80, p< 0.001). These affinity-predicted values of adult females and chil-
dren also strongly correlate with bBMI values in the smaller male sample (Adj. R2 = 0.54 to
0.61, n = 20, p< 0.001). Taken together, these findings suggest these affinity-predicted values
of basal body mass capture similar variation in child and adult samples of both sexes across
ethnolinguistic groups. Fig. 1b illustrates the high degree to which bBMI modelled by genetic
affinity approximates measured bBMI (see S2 Fig. for similar results for child bWH). The clus-
tering of basal BMI values around 22 are groups with high levels of Niger-Kordofan ancestry
that are not differentiated on genetic affinity.
In addition to providing affinity-predicted estimates of bBMI for each of the 80 ethnolin-
guistic units, the genetic affinity model gives us some insight into how bBMI and bWH are as-
sociated with the 13 genetic clusters inferred by Tishkoff et al. [25]. Specifically, the regression
intercept and 12 regression slopes provide estimates of bBMI and bWH for each of the 13 an-
cestral clusters inferred by Tishkoff et al [25]. The regression intercept from the model predict-
ing female bBMI provides the expected bBMI for a woman of hypothetical 100% ancestry from
the reference cluster of Niger-Kordofan (22.2 (95% CI = 21.8,22.5)). The remaining twelve re-
gression coefficients provide the expected basal BMI (or WH) of a hypothetical individual with
100% ancestry from each of the remaining twelve genetic clusters. Fig. 2a depicts the bBMI de-
viation of each of the twelve remaining genetic clusters from Niger-Kordofan. Fig. 2b shows
the comparable values for children's bWH. These coefficients show considerable and consistent
variation across the genetic clusters in both the female adult sample and the child samples.
Among predominantly African clusters, there is a substantial reduction in bBMI and bWH for
the Chadic and Fulani genetic clusters (between -4.3 to -4.5 kg/m2 and -1.0 to -1.9 kg/m) and
less so for Khoesan, Sandawe, Cushitic and West Pygmy components (-0.4 to -2.7 kg/ m2 and
-0.2 to -1.0 kg/m). The one notable discrepancy is Nilo-Saharan which has substantial reduc-
tions in bBMI for adults (-4.3 kg/m2), but not for children (-0.4 kg/m). Among Asian and
Pacific-associated components, Indian and Oceanic have values comparable with Chadic, Fula-
ni and Nilo-Saharan, while East Asian values are closer to Cushitic, Sandawe and W. Pygmy.
The Native American component is the one component that is statistically larger than the
Niger-Kordofan reference in adults, consistent with past findings of higher bBMI among
American populations [24].
When accounting for the effect of affinity-predicted body build, the direct effect of contem-
porary climate on contemporary bBMI or bWH is small (Additional Adjusted R2 explained by
temperature variables is 0%-4%). Moreover, the AICc increases among males and decreases
only slightly among females when including temperature in the genetic affinity model. This
suggests that temperature variables do not substantially improve model fit over and above ge-
netic affinity. Formal mediation analyses show that affinity-predicted bBMI mediates most of
the effect of maximum temperature on adult bBMI (73% of the effect for women and 44% of
the effect for men) and child bWH (70% of effect among both boys and girls). Bootstrap tests
of mediation indicate that all of the indirect effects of genetic affinity are highly significant
(p< 0.01 in all cases). Conversely, the direct effect of contemporary temperature on body form
was not statistically significant among boys or men and was significant, though weak, among
girls and women (p< 0.05) [37]. These results are similar when considering mean tempera-
ture. Given the low correlations between body build and minimum temperature, we did not
conduct the mediation analysis for that climatic variable.
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Fig 2. Estimated adult basal BMI and child basal WH for an individual of 100% ancestry from each of
Tishkoff's genetic components. Niger-Kordofan is the reference category. Bars are 95%
confidence intervals.
doi:10.1371/journal.pone.0122301.g002
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Alternative hypotheses
It is possible that the association with genetic affinity is accounted for by correlated ecological
variables such as diet or economic resources. However, across the 80 ethnolinguistic groups,
neither dominant subsistence strategy nor mean household wealth significantly predicts basal
BMI or WH (Adj. R2 = 0.01) for any of the three full samples in women or children of either
sex. Adding subsistence type or wealth to the model based on genetic ancestry does not change
estimates or inferences of the effect of genetic subcluster membership on bBMI. Indeed, adding
these variables uniformly worsens model fit (e.g. AICc goes up). Another possibility is that
these associations are due exclusively to macro-regional variation. However, the genetic ances-
try model also predicts substantial variation within continents (n = 20 for southern Asia in-
cluding Cambodia and East Timor, n = 58 for sub-Saharan Africa) for—adult females (Adj.
R2 = 0.71 in southern Asia, Adj. R2 = 0.59 in sub-Saharan Africa, p< 0.01), female children
(Adj. R2 = 0.43 and 0.32 respectively, p< 0.01) and male children (Adj. R2 = 0.21 and 0.32 re-
spectively, p< 0.01). As a macro-level check on the possibility that other ecological variables
(drought frequency, suitability of soils for especially nutritious crops, or incidence of disease)
may confound the relationship between genetic affinity and body form, we included latitude
and longitude of ethnolinguistic groups in a regression with the genetic affinity variables. Nei-
ther the coefficients nor the inferences for the genetic affinity variables changed substantially
with the inclusion of these variables (S2 Table).
Assessing divergence from neutral models
Among women and children, there was no significant correlation between the distance from
Central Africa and within-group variance in bBMI or bWH. Among men, within-group vari-
ance in bBMI actually slightly increased (p = 0.05) with increasing distance from Central Af-
rica. These findings do not support the argument that variation in basal body mass is due to a
serial founder effect arising from migration out of Africa.
Discussion
Consistent with the ecogeographic predictions relating climate and body form, basal body
build is associated with local climatic variables in both children and adults in these tropic and
subtropic samples at magnitudes comparable with studies conducted with more latitudinally
diverse populations (21–22% of variation in basal BMI and 25–28% in basal WH). However,
nearly all of this heat-related variation in bBMI and bWH is accounted for by genetic affinity,
and basal body build predicted by genetic affinity also explains far more additional variation
beyond local temperature—60 to 74% of total adult variation and 50 to 58% of total child varia-
tion in basal body form. Finally, adding temperature to the genetic affinity model does not im-
prove model fit. These results suggest that a large part of the ecogeographic associations in this
sample can be attributed to genetic population structure, perhaps reflecting longer-term genet-
ic adaptations to climatic stressors or gene flow and genetic drift that are correlated with geog-
raphy and climate. Plastic responses to climatic stressors or current climate-related food
availability may still account for some of the conformity of human populations to ecogeo-
graphic predictions by both shifting population means and constraining variation. However,
the current findings place some limits on the degree to which plastic responses alone are re-
sponsible for this variation.
Our analyses confirm striking variation in body build across contemporary human popula-
tions in Africa, Asia, and the Americas. Within sub-Saharan Africa alone, there was a 5.2 kg/m2
difference between the adult populations with the thinnest (i.e., Nuer of Ethiopia) and stockiest
(i.e., Bamoun andWimbum of Cameroon) body forms. This variation is consistent across sexes,
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and given the moderate to strong correlations between body build of young children and adults,
much of this variation likely arises very early in development [10, 41]. The wide range of varia-
tion in contemporary body form is also consistent with the variation in body form observed
among geographically dispersedHomo sapiens remains dated from the last 100K years [42].
In models predicting body form from genetic affinity, adult populations of predominantly
Fulani, Nilo-Saharan, Chadic, and South Asian ancestry are expected to have the least compact
body types, and populations with Native American and European ancestry are expected to
have relatively compact body types. Relatively recent population migrations also illustrate how
population movements can lead to substantial divergences between climate and body form in
short time periods, a controversial issue in the anthropological literature on human variation
[43]. For example, ethnolinguistic groups that have high affinity with Native American (Co-
lombian and Guatemalan) and European components (Brahui, Mozabite, Pathan) have much
higher female bBMI than expected (+2.2 to 3.4 kg/m2). This is consistent with findings from
other investigators that Native American body forms, even those from tropical areas, appear to
be derived from much colder ancestral Siberian environments [44] [6, 7, 45]. Conversely, Nilo-
Saharan-descended Maasai living in Tanzania and Kenya have far less compact body builds
than expected given the relatively cooler climate in these regions than ancestral Nilo-Saharan
regions (1.6 kg/m2 lower BMI than expected, Fig. 1a). These examples suggest that divergences
from ecogeographical expectations may not require arguments about the adaptive fit with the
current environment, as has been proposed for stockier body forms among Polynesians [5].
Rather, such divergences may simply reflect selection for compactness in the deep past coupled
with migrations into different climates or random processes of drift and gene flow. It is also
possible that cultural tools that have permitted humans to regulate their temperature (e.g. con-
structed shelter, clothing) have attenuated the former processes of selection and permitted a
greater impact of random genetic processes on body form.
The clear trend towards lower bBMI or bWH among those living in areas with the highest
maximum and mean temperatures is consistent with the idea that selection over the long term
leads to body shapes that maximizes surface area relative to body mass to facilitate heat loss.
Here, we observe no association between bBMI or bWH and climate during the coldest
months. This is consistent with a stronger effect of maximum (rather than minimum) tempera-
ture in human post-cranial remains over longer time scales [46]. This may also be an artifact of
our sample not including many populations living in cold areas. In line with most current re-
search, we have focused on fit of body form with one specific environmental variable—local
temperature. However, there are other environmental variables that may also influence body
form. In environments of greater pathogen stress, bodies may shunt resources away from mus-
cle mass to improve immune function [47]. Some evidence also suggests that shorter limb
length may confer advantages in more rugged terrains—the so-called mobility hypothesis for
limb length—influencing overall body build [48].
A number of limitations should be noted when interpreting and generalizing these findings.
First, we restricted our sample to very poor populations for which Demographic and Health
Surveys have collected anthropometric and wealth data. This restricted our sample to popula-
tions living in tropical and subtropical regions, and potentially attenuated the effect of contem-
porary climate relative to genetic population structure [49]. However, the raw association of
temperature observed in our sample had a magnitude comparable to associations observed in
studies including a wider range of latitudes [1, 2]. This suggests that the sample restriction did
not attenuate the effect of contemporary climate. Moreover, despite this restriction we still ob-
served substantial variation in basal BMI—from approximately 17 to 23—which is comparable
in magnitude to that observed in prior studies [1, 2]. This indicates that the restriction to a
tropical and subtropical sample did not place an artificial ceiling on body mass indices. That
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said, the current findings only apply to those populations residing in tropical and subtropical
regions. Another concern raised by the sample is the restriction to poor populations to estimate
body form prior to the nutrition transition. It is well known that poverty-induced malnutrition
is associated with stunting [50]. Thus, the basal BMI and weight-for-height is estimated on
populations that have likely experienced less stature growth than well-nourished populations.
This could lead to an overall upward bias in BMI and weight-for-height compared to well-
nourished populations. However, given that the major outcome measures—bBMI and basal
weight-for-height—are not strongly associated with wealth, it is unlikely that this upward bias
could account for the current results. The Demographic and Health Surveys also have substan-
tially more data from a wider range of countries for women than for men. Although, there is
no clear explanation for this, we suspect that it is related to the heavy emphasis on maternal
and child health in the surveys. Although this limits our ability to examine worldwide variation
in men, there were sufficient surveys with male samples to validate the adult results across gen-
ders. Finally, it is possible that other unmeasured environmental variables that are arbitrarily
correlated with genetic population structure can account for the observed relationship between
genetic population structure and body form. In our analyses, we have attempted to rule out sev-
eral such factors, including economic resources, urban residence, and mode of subsistence, and
future work will hopefully examine other possible environmental confounders.
We show here that genetic population structure strongly predicts basal body form among
both children and adults, which is consistent with past findings that a large portion of these
population differences must arise early in development [10]. We also show that this is not asso-
ciated with major subsistence type or current economic resources. It is possible that this popu-
lation variation is due to other unmeasured ecological factors. However, these findings put
strong constraints on what other potential environmental factors could be. Specifically, they
would need both to covary strongly with genetic population structure and also to have an effect
very early in development. In the absence of empirical evidence for alternative ecological expla-
nations, the most parsimonious account for these population differences is likely genetic varia-
tion across populations which may have arisen as a result of selection in ancestral
environments or from gene flow or random genetic drift.
Supporting Information
S1 Fig. Location of Samples. X-axis is longitude and Y-axis is latitude.
(DOCX)
S2 Fig. Relationship between mean child basal WH and maximum temperature of hottest
month and genetic affinity-predicted bWH
(DOCX)
S1 Table. Ethnolinguistic groups from DHS datasets matched to Tishkoff Ethnolinguistic
groups.
(DOCX)
S2 Table. Sensitivity of Genetic-Affinity Models to Inclusion of Latitude and Longitude of
groups. Including longitude and latitude in the genetic affinity model do not substantially
modify the coefficients for the genetic affinity variables.  p< 0.05.
(DOCX)
Acknowledgments
We thank Gary Schwartz and Anne Stone for helpful comments on earlier versions of the paper.
Genetic Population Structure and Ecogeographic Patterns in Humans
PLOS ONE | DOI:10.1371/journal.pone.0122301 March 27, 2015 14 / 17
Author Contributions
Conceived and designed the experiments: DJH CH. Analyzed the data: DJH. Contributed
reagents/materials/analysis tools: DJH. Wrote the paper: DJH CH CS AB.
References
1. Katzmarzyk PT, LeonardWR. Climatic influences on human body size and proportions: ecological ad-
aptations and secular trends. American Journal of Physical Anthropology. 1998; 106(4):483–503.
PMID: 9712477
2. LeonardWR, Katzmarzyk PT. Body size and shape: climatic and nutritional influences on human body
morphology. In: Muehlenbein MP, editor. Human Evolutionary Biology. Cambridge: Cambridge Uni-
versity Press; 2010. p. 157–69.
3. Roberts DF. Body weight, race and climate. American Journal of Physical Anthropology. 1953; 11-
(4):533–58. PMID: 13124471
4. Roberts DF. Climate and Human Variability. Menlo Park, CA: Cummings; 1978.
5. Wells JCK. Ecogeographical associations between climate and human body composition: analyses
based on anthropometry and skinfolds. American Journal of Physical Anthropology. 2012; 147(2):169–-
86. doi: 10.1002/ajpa.21591 PMID: 22212891
6. Ruff CF. Variation in human body size and shape. Annual Review of Anthropology. 2002; 31:211–32.
7. Holliday TW. Body proportions in late Pleistocene Europe and modern human origins. Journal of
Human Evolution. 1997; 32(5):423–47. PMID: 9169992
8. Roberts D. Race, genetics and growth. Journal of Biosocial Science. 1969; 1:43–67. PMID: 5373851
9. Stock JT. Hunter‐gatherer postcranial robusticity relative to patterns of mobility, climatic adaptation,
and selection for tissue economy. American Journal of Physical Anthropology. 2006; 131(2):194–204.
PMID: 16596600
10. Cowgill LW, Eleazer CD, Auerbach BM, Temple DH, Okazaki K. Developmental variation in ecogeo-
graphic body proportions. American Journal of Physical Anthropology. 2012; 148(4):557–70. doi: 10.
1002/ajpa.22072 PMID: 22623278
11. Hadley CM, Hruschka DJ. Population level differences in adult body mass emerge in infancy and early
childhood: Evidence from a global sample of low and lower-income countries. American Journal of
Physical Anthropology. 2014; 154(2):232–8. doi: 10.1002/ajpa.22496 PMID: 24549649
12. Foster F, Collard M. A Reassessment of Bergmann's Rule in Modern Humans. PloS one. 2013; 8(8):
e72269. doi: 10.1371/journal.pone.0072269 PMID: 24015229
13. Beall C, Jablonski NG, Steegman AT. Human adaptation to climate: temperature, ultraviolet radiation,
and altitude. In: Stinson S, Bogin B, O'Rourke D, editors. Human Biology: An Evolutionary and Biocul-
tural Perspective. Hoboken, NJ: JohnWiley and Sons; 2012. p. 177–250.
14. Wells JC. Thermal environment and human birth weight. Journal of Theoretical Biology. 2002; 214-
(3):413–25. PMID: 11846599
15. Gardner JL, Heinsohn R, Joseph L. Shifting latitudinal clines in avian body size correlate with global
warming in Australian passerines. Proceedings of the Royal Society B: Biological Sciences. 2009; 276-
(1674):3845–52. doi: 10.1098/rspb.2009.1011 PMID: 19675006
16. Betti L, Cramon-Taubadel NV, Lycett SJ. Human pelvis and long bones reveal differential preservation
of ancient population history and migration out of Africa. Human Biology. 2012; 84(2):139–52. doi: 10.
3378/027.084.0203 PMID: 22708818
17. von Cramon‐Taubadel N, Lycett SJ. Brief communication: human cranial variation fits iterative founder
effect model with African origin. American Journal of Physical Anthropology. 2008; 136(1):108–13.
PMID: 18161847
18. Bogin B, Rios L. Rapid morphological change in living humans: implications for modern human origins.
Comparative Biochemistry and Physiology. 2003; 136(1):71–84. PMID: 14527631
19. Ulijaszek SJ, Strickland SS. Nutritional anthropology: prospects and perspectives. London: Smith-
Gordon & Nishimura; 1993.
20. Malina R, Habicht J, Martorell R, Lechtig A, Yarbrough C, Klein R. Head and chest circumferences in
rural Guatemalan Ladino children, birth to seven years of age. The American Journal of Clinical Nutri-
tion. 1975; 28(9):1061–70. PMID: 1163474
21. Serrat MA, King D, Lovejoy CO. Temperature regulates limb length in homeotherms by directly modu-
lating cartilage growth. Proceedings of the National Academy of Sciences. 2008; 105(49):19348–53.
doi: 10.1073/pnas.0803319105 PMID: 19047632
Genetic Population Structure and Ecogeographic Patterns in Humans
PLOS ONE | DOI:10.1371/journal.pone.0122301 March 27, 2015 15 / 17
22. Teplitsky C, Mills JA, Alho JS, Yarrall JW, Merilä J. Bergmann's rule and climate change revisited: Dis-
entangling environmental and genetic responses in a wild bird population. Proceedings of the National
Academy of Sciences. 2008; 105(36):13492–6. doi: 10.1073/pnas.0800999105 PMID: 18757740
23. Swinburn BA, Egger G, Raza F. Dissecting obesogenic environments: the development and application
of a framework for identifying and prioritizing environmental interventions for obesity. Preventative Med-
icine. 1999; 29(6):563–70.
24. Hruschka DJ, Hadley C, Brewis A. Disentangling basal and accumulated body mass for cross‐
population comparisons. American Journal of Physical Anthropology. 2014; 153(4):542–50. doi: 10.
1002/ajpa.22452 PMID: 24374912
25. Tishkoff SA, Reed FA, Friedlander FR, Ehret C, Ranciaro A, Froment A, et al. The genetic structure and
history of Africans and African Americans. Science. 2009; 324:1035–44. doi: 10.1126/science.
1172257 PMID: 19407144
26. Long JC, Li J, Healy ME. Human DNA sequences: more variation and less race. American Journal of
Physical Anthropology. 2009; 139(1):23–34. doi: 10.1002/ajpa.21011 PMID: 19226648
27. Pickrell JK, Patterson N, Loh P-R, Lipson M, Berger B, Stoneking M, et al. Ancient west Eurasian
ancestry in southern and eastern Africa. Proceedings of the National Academy of Sciences. 2014; 111-
(7):2632–7. doi: 10.1073/pnas.1313787111 PMID: 24550290
28. ICF Macro. Demographic and Health Surveys. Calverton, MD: ICF Macro.
29. Verbraecken J, Van de Heyning P, De Backer W, Van Gaal L. Body surface area in normal-weight,
overweight, and obese adults. A comparison study. Metabolism. 2006; 55(4):515–24. PMID: 16546483
30. Haycock GB, Schwartz GJ, Wisotsky DH. Geometric method for measuring body surface area: a
height-weight formula validated in infants, children, and adults. The Journal of Pediatrics. 1978; 93-
(1):62–6. PMID: 650346
31. Davies JB, Sandström S, Shorrocks A, Wolff EN. The Level and Distribution of Global Household
Wealth. The Economic Journal. 2011; 121(551):223–54.
32. Hruschka DJ, Gerkey D, Hadley CM. Estimating Absolute Household Wealth Per Capita for the Study
of Economic Deprivation and Health. submitted.
33. Hijmans RJ, Cameron SE, Parra JL, Jones PG, Jarvis A. Very high resolution interpolated climate sur-
faces for global land areas. International Journal of Climatology. 2005; 25:1965–78.
34. Rush EC, Freitas I, Plank LD. Body size, body composition and fat distribution: comparative analyses
of European, Maori, Pacific Island and Asian Indian adults. British Journal of Nutrition. 2009;
102:632–41. doi: 10.1017/S0007114508207221 PMID: 19203416
35. Hruschka DJ, Rush EC, Brewis AA. Population Differences in the Relationship Between Height,
Weight, and Adiposity: An Application of Burton’s Model. American Journal of Physical Anthropology.
2013; 151(1):68–76. doi: 10.1002/ajpa.22258 PMID: 23553559
36. Hruschka DJ, Brewis AA. Absolute wealth and world region strongly strongly predict overweight among
women (ages 18–49) in 360 populations across 36 developing countries. Economics and Human Biolo-
gy. 2013; 11(3):337–44. doi: 10.1016/j.ehb.2012.01.001 PMID: 22269776
37. Hayes AF. Introduction to mediation, moderation, and conditional process analysis: A regression-
based approach: Guilford Press; 2013.
38. IBM Corp. IBM SPSS Statistics for Windows. Armonk, NY: IBM Corp.; 2011.
39. Stone GN, Nee S, Felsenstein J. Controlling for non-independence in comparative analysis of patterns
across populations within species. Philosophical Transactions of the Royal Society B: Biological Sci-
ences. 2011; 366(1569):1410–24. doi: 10.1098/rstb.2010.0311 PMID: 21444315
40. Crognier E. Climate and anthropometric variations in Europe and the Mediterranean area. Annals of
Human Biology. 1981; 8(2):99–107. PMID: 7247349
41. Singhal A, Wells JCK, Cole TJ, Fewtrell M, Lucas A. Programming of lean body mass: a link between
birth weight, obesity, and cardiovascular disease. American Journal of Clinical Nutrition. 2003;
77:726–30. PMID: 12600868
42. Ruff C, Niskanen M, Junno J-A, Jamison P. Body mass prediction from stature and bi-iliac breadth in
two high latitude populations, with application to earlier higher latitude humans. Journal of Human Evo-
lution. 2005; 48(4):381–92. PMID: 15788184
43. Lewin R. Principles of Human Evolution. Malden, MA: Blackwell Science; 1998.
44. Auerbach BM. Skeletal variation among early Holocene North American humans: implications for ori-
gins and diversity in the Americas. American Journal of Physical Anthropology. 2012; 149(4):525–36.
doi: 10.1002/ajpa.22154 PMID: 23109240
45. Ruff CB. Morphological adaptation to climate in modern and fossil hominids. American Journal of Physi-
cal Anthropology. 1994; 37(S19):65–107.
Genetic Population Structure and Ecogeographic Patterns in Humans
PLOS ONE | DOI:10.1371/journal.pone.0122301 March 27, 2015 16 / 17
46. von Cramon-Taubadel N, Stock JT, Pinhasi R. Skull and limb morphology differentially track population
history and environmental factors in the transition to agriculture in Europe. Proceedings of the Royal
Society B: Biological Sciences. 2013; 280(1767). doi: 10.1098/rspb.2013.1629 PMID: 23902915
47. Muehlenbein MP, Bribiescas RG. Testosterone-mediated immune functions and male life histories.
American Journal of Human Biology. 2005; 17(5):527–58. PMID: 16136532
48. Higgins RW, Ruff CB. The effects of distal limb segment shortening on locomotor efficiency in sloped
terrain: implications for Neandertal locomotor behavior. American Journal of Physical Anthropology.
2011; 146(3):336–45. PMID: 22102995
49. Roseman CC. Detecting interregionally diversifying natural selection on modern human cranial form by
using matched molecular and morphometric data. Proceedings of the National Academy of Sciences of
the United States of America. 2004; 101(35):12824–9. PMID: 15326305
50. Bogin B, Smith P, Orden AB, Varela Silva MI, Loucky J. Rapid change in height and body proportions of
Maya American children. American Journal of Human Biology. 2002; 14(6):753–61. PMID: 12400036
Genetic Population Structure and Ecogeographic Patterns in Humans
PLOS ONE | DOI:10.1371/journal.pone.0122301 March 27, 2015 17 / 17
